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Active, self-touch and the passive touch from an external source engage comparable
afferent mechanoreceptors on the touched skin site. However, touch directed to glabrous
skin compared to hairy skin will activate different types of afferent mechanoreceptors.
Despite perceptual similarities between touch to different body sites, it is likely that
the touch information is processed differently. In the present study, we used functional
magnetic resonance imaging (fMRI) to elucidate the cortical differences in the neural
signal of touch representations during active, self-touch and passive touch from another,
to both glabrous (palm) and hairy (arm) skin, where a soft brush was used as the stimulus.
There were two active touch conditions, where the participant used the brush in their
right hand to stroke either their left palm or arm. There were two similar passive, touch
conditions where the experimenter used an identical brush to stroke the same palm
and arm areas on the participant. Touch on the left palm elicited a large, significant,
positive blood-oxygenation level dependence (BOLD) signal in right sensorimotor areas.
Less extensive activity was found for touch to the arm. Separate somatotopical palm
and arm representations were found in Brodmann area (BA) 3 of the right primary
somatosensory cortex (SI) and in both these areas, active stroking gave significantly
higher signals than passive stroking. Active, self-touch elicited a positive BOLD signal in
a network of sensorimotor cortical areas in the left hemisphere, compared to the resting
baseline. In contrast, during passive touch, a significant negative BOLD signal was found
in the left SI. Thus, each of the four conditions had a unique cortical signature despite
similarities in afferent signaling or evoked perception. It is hypothesized that attentional
mechanisms play a role in the modulation of the touch signal in the right SI, accounting for
the differences found between active and passive touch.
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INTRODUCTION
The brain receives afferent information from the activation of
mechanoreceptors in the skin during interactions with the envi-
ronment. The present study focuses on the cortical representa-
tions from active, self-touch and passive (other) touch to the
palm and arm. There are differences in the types of low-threshold
mechanoreceptors found in the glabrous skin of the palm com-
pared to the hairy skin on the arm (for an overview, see Macefield,
2005). The mechanoreceptors on the glabrous skin allow high
discriminatory abilities for touch, whereas the input from hairy
skin does not give such discrimination. Despite these differences,
glabrous and hairy skin are both sensitive to touch; a recent study
has shown that psychophysical ratings of the intensity and the
pleasantness of touch were not different between the skin of the
palm and the arm (McGlone et al., 2012). However, the study
also found that using a Touch Perception Task (from Guest et al.,
2011), subjects used more sensory descriptors when evaluating
touch to the palm, whereas they used more emotional descriptors
for touch to the arm, indicating that touch is processed over many
cognitive levels.
The high discriminatory ability from human glabrous skin
(e.g., the ventral surfaces of the hands and feet) is based on
inputs from four main classes of low-threshold mechanorecep-
tors, namely: rapidly-adapting types I (RAI; Meissner’s corpus-
cles) and II (RAII; Pacinian corpuscles), and slowly-adapting
types I (SAI; Merkel’s disks) and II (SAII; Ruffini’s endings).
These afferents are in the Aβ conduction range of myelinated
mechanoreceptors and send information to the brain very quickly
(conducting at 36–73 m/s; Kakuda, 1992) at a high temporal res-
olution (Perge et al., 2012). This type of mechanoreceptive input
provides an excellent source of information during discrimina-
tive touch; the incoming, high-quality tactile information can
be compared in areas of the brain such as SI. This capacity can
be demonstrated in ways such as using two-point discrimina-
tion tests, where the fingertip skin has high discriminatory ability
(2–4mm; Bickley and Szilagyi, 2007).
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Hairy skin is defined as the non-glabrous and non-
mucocutaneous skin that covers the majority of the body surface.
Hairy skin does not contain RAI mechanoafferents but instead,
includes hair, field and C-tactile (CT) afferents. These afferents
have myelinated axons (e.g., Aβ terminal hair and field units;
Vallbo et al., 1995), or are unmyelinated (CT; Vallbo et al., 1993).
The density of myelinated afferents in hairy skin is much less
than in glabrous skin (Provitera et al., 2007). In contrast to
glabrous skin, hairy skin has a much lower discriminatory ability
(e.g., 30–40mm in the two-point discrimination test; Bickley and
Szilagyi, 2007), but is nevertheless sensitive to touch; in fact, CT
afferents respond to <250 mg force (Vallbo et al., 1993; Wessberg
et al., 2003; Cole et al., 2006). The touch information relayed to
the brain from CT afferents is comparatively lower in temporal
resolution due to the slower conduction velocity and more vari-
able firing discharge (Vallbo et al., 1993, 1999; Wessberg et al.,
2003).
Touch information is described classically as having a soma-
totopical representation in the contralateral SI (Penfield and
Rasmussen, 1950), where discriminative and integrative aspects of
touch are processed, such as form, texture, shape, and size (Hsiao,
2008). Tactile input is also processed in other cortical areas and
the information flow can be split into dorsal and ventral streams
(Romo et al., 2002). The dorsal stream sends information to
Brodmann areas (BA) 5 and 7 and has been associated with pro-
cessing during active touch, such as during voluntary movements
(Shanks et al., 1985; Cavada and Goldman-Rakic, 1989; Romo
et al., 2002). The ventral stream has been more associated with
discrimination, feature and pattern recognition, and flows though
lateral somatosensory areas, such as the secondary somatosensory
cortex (SII), but also includes activation of premotor and pre-
frontal areas (Pons et al., 1987; Carmichael and Price, 1995; Romo
et al., 2002). Both of these streams include reciprocal connections
with motor areas and there are within- and between-hemispheric
somatosensory connections (Goldring et al., 1970; Fabri et al.,
1999; Tommerdahl et al., 2006; Eickhoff et al., 2008; Ragert et al.,
2011; Schäfer et al., 2012). In active touch, the motor system must
communicate with the somatosensory system during behavior,
such as in the fine-detail exploration of a surface. Here, there must
be an exchange of sensory and motor information and the pri-
marymotor cortex (MI) also receives direct input from SI (Huerta
and Pons, 1990). It is likely that combinations of these areas work
together to integrate and process touch information and shape
how we act on it.
The present study aims to investigate the differences between
the cortical representations from active and passive forms of
touch. The mode of touch relates to the skin site: active touch
is typically carried out by the hands whereas the rest of the body
is more involved in passive touch, for example, from another per-
son. Active, self-touch and the passive touch from another will
engage similar afferent mechanoreceptors on the same skin site
but may be processed differently. Active touch is self-governed,
where there is a motivation and an expectation of upcoming
sensory input. A feed-forward efference copy signal predicting
the expected outcome of movements is sent to somatosensory
areas, such as SI and the cerebellum, for movement-related gat-
ing of the incoming sensory input (Chapin andWoodward, 1981;
Blakemore et al., 1998). This has been hypothesized to be for
sensory cancellation e.g., how you cannot tickle yourself because
an internal forward model captures the relationship between the
motor efference copy and the predicted sensory consequences of
the action (Weiskrantz et al., 1971; Blakemore et al., 1998, 2000).
Sensory cancellation allows you to attend to any unexpected
parts of the input, while ignoring the expected sensory feedback.
Conversely, during passive touch, an expectation of touch may be
present, but there is no motor efference copy to nullify or cancel
the subsequent, sensory input.
Previous neuroimaging studies have found that active touch
produces sensations that are less intense, compared to that from
passive touch, in part due to sensory cancellation (Blakemore
et al., 1998, 1999). In these studies, the BOLD signal in SI con-
tralateral to the touched surface was found to be significantly
lower for active touch. It is reasoned that incoming signals are
attended to less if they match the expected parameters, so can
be ignored, thus a decrease in the signal is observed. The find-
ing of decreased activity in SI for active compared to passive
touch is controversial. Some studies have found a decreased
SI signal, for example, in animal in vivo recordings (Chapin
and Woodward, 1981; Jiang et al., 1991), electroencephalography
(EEG; Abbruzzese et al., 1981; Tapia et al., 1987), magnetoen-
cephalography (Hesse et al., 2010), and fMRI (Blakemore et al.,
1998). However, other animal in vivo electrophysiological exper-
iments (Chapman and Ageranioti-Bélanger, 1991; Ageranioti-
Bélanger and Chapman, 1992) and a recent fMRI experiment
(Simões-Franklin et al., 2011) have found different results: an
increased contralateral SI signal during active touch.
Information gained from active touch and dynamic passive
touch has been shown to be perceptually similar (Lederman,
1981; Verrillo et al., 1999). It is therefore likely that the motor
component in active touch can be countermanded to the extent
that movement-related gating has virtually no effect. Similar
effects have been seen in other sensory-motor tasks, such as the
interaction of vision with head movement, where a cancellation
signal occurs but has little effect on the response (Ackerley and
Barnes, 2011). It is to be expected that all available sensory and
motor information is used together in processing the informa-
tion from touch. The present study uses fMRI to detect significant
modulations in the BOLD signal to active (self-touch) and pas-
sive stroking (touch via the experimenter) of the glabrous skin
(palm) and hairy skin (arm), using a soft, cosmetic brush for
stimulation. This was specifically used to activate low-threshold
mechanoreceptors and investigate the cortical differences within
and between the touch conditions. Therefore, despite similarities
in perception, we hypothesize that each condition (active, passive,
hairy, or glabrous) has a unique cortical representation.
MATERIALS AND METHODS
The study was carried out using a Siemens 3T MRI scanner with
an eight channel head coil, at the University of Liverpool, UK.
All participants were screened prior to taking part for safety
and were supplied with information about the study, which con-
formed to local ethical approval and was performed in accordance
with the Declaration of Helsinki. Written, informed consent was
obtained for a total of 12 healthy, male volunteers (aged 18–35).
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The study compared intra-personal touch where the person
actively stroked themselves (self-touch) using a soft cosmetic
brush (width = 4 cm), with inter-personal touch where the par-
ticipant was stroked using an identical brush, by the experimenter
(other-touch). The body sites stroked were the palm (glabrous
skin in the middle of the left palm) and the arm (dorsal hairy sur-
face of the left mid-arm). Each stroked area was approximately
10 cm long and the stroking velocity was between 6 and 8 cm/s.
The participant could not see the experimenter during the ses-
sion, although, they were instructed about the type of stroking
via a viewing screen.
The paradigm consisted of four different randomized touch
conditions that were repeated eight times each. Each block con-
sisted of 9 s of stroking, then 6 s of rest. During the stroking,
the participant saw a continuous visual instruction (e.g., “Stroke
your palm” and “Your arm will be stroked”), which was projected
onto a screen in front of the participant, viewed via a mirror on
the head coil. The participants were made aware of the timings
and task beforehand, and they practiced the conditions before
going into the scanner, and also in the scanner before the experi-
ment started. This aided in gaining consistency in stroking within
and between participants and also allowed for similar forces to
be applied (∼0.8N). To minimize motion artifacts that would
produce head movement in the scanner, the participants were
instructed to make only small armmovements during brushing.
The parameters used for the functional gradient echo-planar
imaging sequence were: in-plane resolution = 64 × 64 matrix,
field of view = 192mm, flip angle = 90◦, TR = 3000ms, TE =
30ms, and inter-slice interval= 71ms over 160 volumes (42 slices
for whole-brain coverage at a resolution of 3 × 3 × 2.5mm with
slice gap = 0.5mm). A T1-weighted, high resolution anatomi-
cal scan (176 slices at 224 × 256mm coverage, 1mm isotropic
voxels) was conducted either before or after the paradigm. Brain
Voyager (v2.4, Brain Innovation, Maastricht, Netherlands) was
used for the analysis of the fMRI data and Statistical Package
for the Social Sciences (SPSS) (IBM, Armonk, NY) was used for
further statistical investigations in region-of-interest (ROI) anal-
yses. The raw fMRI data were imported and preprocessed with
the following standard parameters: slice scan time correction, 3D
motion correction, spatial smoothing (with a Gaussian filter of
full width half maximum = 3mm in the space domain), and
temporal filtering. All of the subjects had <3mm motion and
<3◦ translation. Anatomical data were imported and corrected
for image intensity inhomogeneity (a step that included brain
extraction from surrounding skull and tissue, and the segrega-
tion of gray and white matter), before conversion to Talairach
space. The preprocessed functional data were coregistered with
the original anatomical data to make a volume time course file.
Data were saved in neurological convention (where left-is-left and
vice versa) at a resolution of 3 × 3 × 3mm.
The processed functional data were linked to the Talairach
brain (Talairach and Tournoux, 1988) and a single-subject gen-
eral linear model (GLM) was carried out with four predictors
(the stroking conditions) using Z-scores as a change from the
signal baseline (rest), with a hemodynamic response function
applied. Each participant’s data was inspected for significant
BOLD activity changes from the resting baseline between the
conditions. A multi-subject group-level GLM was then carried
out, for random effects significant differences in the BOLD sig-
nal. The different stroking conditions were contrasted against the
baseline rest period and significantly activated voxels were sought
at a false discovery rate (FDR) of q < 0.05, which corrected for
multiple comparisons (see Genovese et al. (2002), Goebel et al.
(2006), and Gordon et al. (2011) for use of FDR correction to
increase statistical power over Bonferroni correction). ROIs were
identified based on the results of the contrasts, although, the main
targets for analysis were sensory and motor cortical areas in the
brain (e.g., SI, SII andMI). The Talairach co-ordinates for regions
showing significant changes in the BOLD signal were entered into
Talairach Client (Talairach.org; Lancaster et al., 1997, 2000) to
determine the exact brain area modulated. Beta-weights (relating
to the BOLD z-score amplitude) were computed for each partic-
ipant in each condition in ROIs. SPSS (IBM, Armonk, NY) was
used to calculate significant differences between touch conditions
using analysis of variance [ANOVA; 2 × 2 design: mode of stim-
ulation (active or passive) and the body site touched (palm or
arm)], with post-hocmultiple comparisons where the factors were
contrasted separately (sought at p < 0.05).
RESULTS
The results from comparing the different touch conditions
showed striking differences in sensorimotor areas. From inspec-
tion of each participant’s data, and as found previously (Olausson
et al., 2002; Björnsdotter et al., 2009), the data from some par-
ticipants (n = 4) showed less BOLD activation, due to increased
head movement and also drowsiness may have played a factor.
Although, these participants’ data followed similar trends, they
were not used in calculations. Overall in the data, there were
more extensive areas showing positive BOLD signal changes for
palm compared to arm stroking in the right sensorimotor cor-
tex, irrespective of whether the stroking was active or passive
(Figure 1). A somatotopical representation was found in the right
SI (BA03): the palm representation was in the middle of the post-
central gyrus and covered a large area (see Figure 1), whereas the
arm representation was further lateral (not shown in Figure 1
due to the slice orientation; see Table 1 for details). In both of
these specific body site regions in BA03, active touch gave signif-
icantly higher beta values than passive touch to the same area,
respectively (p < 0.05; Figure 2). Other areas in the left senso-
rimotor cortex showed significant positive BOLD modulations
compared to the resting baseline for touch to the palm and arm
(see Table 1), however, none of these regions showed significant
differences between the active and passive touch beta values.
Comparing touch to the palm and arm, there were other
region-specific differences. For touch to the arm, there were sig-
nificant BOLD signals found bilaterally in SII during both active
and passive touch, compared to the resting baseline. For touch
to the palm, there was a bilateral activation of SII during passive
touch compared to rest, however, during active stroking of the
palm there was only significant BOLD signal changes in the right
SII (see Figure 1 andTable 1). During touch to the palm, the right
MI showed significant positive BOLD signals compared to the
resting baseline. There were also significant positive BOLD signals
in the right premotor cortex during active touch to the palm and
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FIGURE 1 | Overview of the main regions where positive BOLD signal
changes were found for active and passive stroking on the palm and
arm, compared to the resting baseline. There were clear differences
between active and passive touch, as can be seen in the BOLD signal in
the left SI and MI (compare the top two panels). There were also body site
differences: the right SI had large regions of activity from palm stroking,
whereas much less activity was found to arm stroking (see also Table 1).
There was also bilateral SII activation to arm stroking, whereas bilateral
activity for palm stroking was only found for passive touch (in active touch
to the palm, there was only right SII activity). The maps are to neurological
convention (left is left).
arm; however, there were no right-sided motor area activations
for passive stroking of the arm (see Table 1).
Differences between active and passive touch were mainly seen
in the left sensorimotor cortex, as would be expected for the right,
contralateral, and limb movement. During active stroking of the
palm and arm, a network of left cortical areas showed significant
positive BOLD signals including: SI, MI, premotor cortex, and
somatosensory association areas (BA05 and BA07; see Table 1).
These activations likely reflect the interaction of motor and sen-
sory components during active, self-touch including movement
planning, co-ordination and sensory feedback from the skin of
the right palm. Furthermore, in contrast to the positive BOLD
signals during active touch compared to the resting baseline (see
Figure 1, top left panel and Figure 3 top panel), a significant neg-
ative BOLD signal was found in the left SI during passive touch to
both the palm and arm (Figure 3). This covered an extensive part
of SI and also spread into the left MI. A further difference was
seen in the insula cortices: there were significant bilateral pos-
itive BOLD signals during passive touch to both the palm and
arm, compared to the resting baseline. In contrast, during active
touch, only the right insula showed a significant BOLD signal in
self-palm stroking, compared to the resting baseline.
DISCUSSION
The present study used light brush stroking to elicit cortical
responses from glabrous and hairy skin. The BOLD signal was
modulated by the skin site (palm or arm) and by the type of
stroking (active or passive), and an interaction was seen in the
right SI (contralateral to the touch) in BA03 between active and
passive stroking of the palm and the arm. Here, a clear soma-
totopical difference was observed between the representations
of each body site, the palm being a much larger representa-
tion and the arm was represented more laterally, and in both
respective areas, active stroking gave an increased BOLD sig-
nal over passive stroking. Previous studies have also found that
the arm is represented more laterally than from the Penfield
and Rasmussen (1950) cortical homunculus, e.g., Olausson et al.
(2002) and Gordon et al. (2011). The larger representation of
the glabrous skin of the hand would be expected in SI, due to
both the increased peripheral receptor density and differences
in the type of receptors present (i.e., the glabrous skin also
sends RAI afferents to the cortex), however, the finding of active
touch, in general, producing significantly higher BOLD signals
was more controversial. The present study adds to the evidence
that the signal in contralateral SI is indeed modulated, for both
glabrous and hairy skin sites, although it is likely that the affer-
ent signal to SI touch may be modulated in a context-dependent
manner (Chapman and Ageranioti-Bélanger, 1991; Ageranioti-
Bélanger and Chapman, 1992; Chapman, 1994; Jackson et al.,
2011). If there is behavioral relevance for the tactile informa-
tion gained from active touch, the cancellation effect from the
sensory prediction of the consequences of the motor efference
may be countermanded by an internal mechanism to attend to
the touch afference. This attentional or cognitive internal drive
may determine whether the signal to contralateral SI is atten-
uated or amplified. It is therefore likely that the input to SI is
nevertheless subject to movement-related gating, which would
decrease the incoming signal during active touch; however, the
efference copy of the movement and/or the prediction of its sen-
sory consequence may be countermanded by the demands of
the task.
The extent to which the signal is attenuated or amplified may
be modulated by factors such as attention and motor strategy,
depending on the situation (Chapman, 1994). Previous stud-
ies have shown that there is not necessarily a direct relation-
ship between activity in afferent touch systems and changes in
the BOLD signal and the relationship can vary with attention
(Johansen-Berg and Lloyd, 2000; Arthurs et al., 2004). During
active touch, interactions between motor and sensory cortices
may also regulate context-dependent information processing in
SI (Lee et al., 2008). Evidence from humans for the modula-
tion of this movement-related gating comes from Master and
Tremblay (2009, 2010), who found that active tactile exploration
increases corticomotor excitability when tactile information is
sought, rather than ignored. In present study, the participants
may have paid more attention to the active stroking as they did
not have visual feedback from their touch, thus giving the higher
signal in SI. Furthermore, the current study provides evidence
that this signal was onlymodulated in BA03; no significantmodu-
lations in the level of the positive BOLD signal were seen between
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Table 1 | Overview of all the cortical regions showing significant differences from the resting baseline for each touch conditions.
Brodmann area Peak Talairach co-ordinates Maximum t-score Number of voxels
x y z
ACTIVE PALM VS. REST
Left premotor cortex 6 −4 −15 53 8.96 203
6 −58 2 39 9.56 710
Left precentral gyrus (MI) 4 −29 −23 67 11.93 912
Left postcentral gyrus (SI) 3 −35 −30 57 12.66 956
2 −54 −28 50 11.49 491
2 −60 −22 35 9.70 918
40 −40 −44 53 12.80 497
Left somatosensory association cortex 5 −34 −40 59 12.46 964
7 −21 −54 61 4.81 483
7 −35 −54 54 7.02 650
Right premotor cortex 6 7 −19 72 5.42 586
6 57 1 39 7.16 601
Right precentral gyrus (MI) 4 31 −20 63 13.28 792
Right postcentral gyrus (SI) 3 37 −31 58 13.15 955
40 35 −44 52 14.31 845
2 56 −22 41 10.04 900
Right operculum (SII) 40 58 −18 24 7.61 523
Right insula 13 49 −18 17 3.30 151
Right inferior frontal gyrus 44 54 7 14 3.67 87
ACTIVE ARM VS. REST
Left premotor cortex 6 −4 −12 54 7.11 708
6 −58 0 39 6.57 324
Left precentral gyrus (MI) 4 −30 −21 66 11.66 992
Left postcentral gyrus (SI) 3 −35 −29 59 11.66 1000
2 −52 −26 50 9.41 939
2 −59 −22 36 11.09 989
40 −36 −42 53 9.67 998
Left somatosensory association cortex 5 −34 −38 59 10.75 945
7 −26 −65 53 3.14 148
7 −35 −54 54 6.57 380
Left operculum (SII) 40 −59 −23 23 6.11 452
Right premotor cortex 6 7 −10 62 5.47 47
6 58 0 37 8.72 503
Right postcentral gyrus (SI) 3 57 −21 41 9.63 755
40 36 −42 54 7.83 438
Right operculum (SII) 40 53 −22 27 5.28 127
Right inferior frontal gyrus 44 54 4 14 6.70 191
PASSIVE PALM VS. REST
Left premotor cortex 6 60 0 35 6.42 394
Left postcentral gyrus (SI) 2 −60 −23 34 8.93 939
Left postcentral gyrus (SI) 3 −36 −31 59 −11.87 632
Left operculum (SII) 40 −59 −23 24 6.24 616
Left insula 13 −49 −38 23 3.41 142
13 −40 −5 11 4.10 150
Right precentral gyrus (MI) 4 40 −18 58 9.57 900
Right postcentral gyrus (SI) 3 40 −31 59 8.66 984
2 56 −22 35 7.98 772
40 36 −40 56 8.72 991
Right operculum (SII) 40 52 −22 21 6.03 784
40 57 −31 24 4.91 553
Continued
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Table 1 | Continued
Brodmann area Peak Talairach co-ordinates Maximum t-score Number of voxels
x y z
Right insula 13 43 −19 20 5.07 450
13 40 −14 11 4.75 217
Right inferior frontal gyrus 44 54 3 17 3.37 71
PASSIVE ARM VS. REST
Left postcentral gyrus (SI) 3 −35 −31 59 −12.98 570
Left operculum (SII) 40 −61 −24 32 5.78 485
Left insula 13 −50 −37 23 3.87 73
Right postcentral gyrus (SI) 3 58 −21 37 5.91 346
40 27 −43 56 3.64 17
Right operculum (SII) 40 52 −22 21 4.73 637
40 58 −34 26 6.59 840
Right insula 13 42 −31 21 5.54 557
13 39 −15 12 3.64 89
Right inferior frontal gyrus 44 54 1 17 4.18 211
Right superior temporal gyrus 22 67 −37 16 4.04 217
Right angular gyrus 39 47 −55 8 3.88 189
The table details the Brodmann area, Talairach co-ordinates (x, y, z) of the peak of the BOLD signal, the maximum t-score and the number of voxels in each region.
The italicized numbers denote a significant negative BOLD signal; all other regions show significant positive BOLD signals compared to the baseline.
FIGURE 2 | Beta weights from the right SI palm and arm respective
areas. There were significant differences for the palm SI BA03 region and
arm SI BA03 region (see Table 1 for area details), where active stroking
gave significantly higher beta values than passive stroking. Error bars show
±1 standard error.
active and passive touch for other areas during stroking of the
palm or arm. There was an interaction between the touch condi-
tions in SII: all the conditions apart from active touch to the palm
elicited significant positive BOLD signals bilaterally in SII. Active
touch to the palm, however, only showed significant positive
BOLD signal changes in the right SII. The present results suggest
that somatosensory signals arriving in SII from both palms may
culminate in a gating effect to focus on the most relevant input
for the current task. Different patterns of activity in SII may aid
in attention to a certain body area, especially during bilateral body
interactions with input from the same body area on both sides.
We investigated self-touch with an instrument, rather than the
direct skin-to-skin contact. It was deemed that a brush was a
better, more controlled stimulus for factors such as temperature
and social interactions. Furthermore, the participants were able
to train in stroking with the brush, which also allowed a constant
force to be applied between the conditions. A potential confound
of the finding of the active/passive touchmodulation in BA03may
have been small differences in the applied force of the brushing.
An increased signal in SI for both the palm and arm active brush-
ing may have been due to the participant stroking themselves with
more force. However, the force from the brush would not have
been too different as the hairs on the brush provided only light
forces (typically<1 N) and it was difficult to achieve a heavy force
with the brush, unless it was pushed into the skin. As the partici-
pant was able to practice stroking with the brush beforehand, the
experimenter was able to make sure that the brushing was con-
sistent within and between participants. Although, the task was
repetitive, the participants were required to pay attention to the
task at hand and no overall decrease in the modulation of the
BOLD signal was seen over the experiments. Also, as the effect was
only found in BA03, this points to an attentional mechanism for
gating of the initial processing of incoming touch information. It
is likely that self-touch using skin-to-skin contact would produce
a somewhat different signal. With this reasoning, the left senso-
rimotor touch network found during active touch in the present
study may be different when touch is directed to another object
that is not the self.
During active touch, a network of sensorimotor areas was
recruited in the left cortex, contralateral to the moving limb.
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FIGURE 3 | Overview of the left SI area that showed significant
negative BOLD during passive stroking. The top graph shows the time
courses of all the conditions in the left SI BA03 area (see Table 1 for more
details); in active touch, there was a significant positive BOLD signal
changes, whereas in passive touch, there was a significant negative BOLD
signal. The bottom panel shows the negative BOLD signal areas for passive
touch to the palm and arm; these regions overlapped greatly. The brain map
in the bottom panel is to neurological convention (left is left).
Strong, positive BOLD signals were observed particularly in left
SI and MI, with other sensory (somatosensory association cor-
tex) and motor (premotor cortex) areas also following the same
pattern of modulation during active touch. A similar network of
connectivity betweenmotor, premotor, sensory, and sensory asso-
ciation areas has been demonstrated in the monkey (Morecraft
et al., 2004, 2012). In the present study, a negative BOLD signal
was found in the left sensorimotor cortex during passive touch.
There are a number of potential explanations for this including
“vascular blood stealing” from surrounding areas. This entails
that an area showing a positive BOLD signal can produce a nearby
negative BOLD signal due to blood being diverted from a nearby
inactive area. In the present study, this is unlikely as there was no
positive BOLD signal in close proximity to the negative BOLD
signal during the passive stroking. Another potential explana-
tion may be that the negative BOLD signal may have been due
to a “memory” of previous active touch modulations, such as,
residual neuronal inhibition or a compensatory decrease in blood
flow after the large BOLD signal from active touch. However,
the BOLD signals returned to the resting baseline level after
each touch stimulus had ceased and the stimuli were random-
ized, making this explanation less likely. Negative BOLD signals
have been shown to correlate with decreases in neuronal activity
(Shmuel et al., 2006), which could manifest as a change in ongo-
ing brain rhythms. We believe that the negative BOLD signal in
the ipsilateral, left SI during passive touch was due to a change
in the neuronal activity as a result of unilateral touch to the
left side of the body. Recent papers have shown that somatosen-
sory stimulation of one hand elicits positive BOLD signals in
the contralateral cortex with accompanying negative BOLD sig-
nal modulations in the ipsilateral cortex (Hlushchuk and Hari,
2006; Kastrup et al., 2008; Klingner et al., 2010, 2011; Schäfer
et al., 2012).
EEG studies have shown that a unilateral somatosensory stim-
ulus to one hand will elicit an event-related potential in the
contralateral SI, which is accompanied by a concurrent event-
related desynchronization of the ongoing mu rhythm over both
somatosensory cortices, although, more strongly on the con-
tralateral side to the somatosensory event (Korvenoja et al., 1995;
Nikouline et al., 2000). The evidence shows, that a somatosen-
sory event to one side of the body only, will elicit a response
in the contralateral SI, which has an effect on the ipsilateral SI,
via transcallosal connections between the sensorimotor cortices
(Fabri et al., 1999; Ragert et al., 2011). We postulate that cross-
talk between sensorimotor cortices will facilitate attention and
differentiation of somatosensory information from each side of
the body. Specifically, the inhibitory signal that is sent from the
activated SI to the opposite SI may aid in bimanual process-
ing and the interpretation of tactile localizations and interactions
(Kastrup et al., 2008). The differences in the BOLD signals may
play a role in distinguishing between active, self-touch (with the
internally-generated efferent copy feedback) from passive, exter-
nal touch (with no predictions of the consequences). It is possible
that the shift between significant positive and negative BOLD sig-
nals to active and passive stroking, respectively, do also reflect the
timing and expectancy of previous and subsequent touch stimuli
during the paradigm. Also, only during passive touch was bilat-
eral insula activity seen. This again may be part of a network of
sensory areas that help distinguish both between self- and other
touch.
In conclusion, the present study found a distinct cortical pat-
tern associated with each of the four touch conditions. Differences
between touch to the palm and armwere found: the glabrous skin
of the palm showed a significant representation in the contralat-
eral, right SI, whereas this signal was less extensive for touch to
the arm, which relates to the mechanoreceptive input and usage
for discriminative touch. The significant, positive BOLD signal
was modulated in the respective body site areas in BA03, where
active touch gave an increased signal over passive touch. Active
touch using the right hand/arm elicited a network of positive
BOLD signal changes in left sensorimotor areas; conversely, a neg-
ative BOLD signal for passive touch in the left SI. The present
study has implications for understanding how touch information
is processed and gated according to the behavioral situation and
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could be used to refine touch interactions with everyday objects
in rehabilitation studies. Furthermore, touch processing appears
to be heavily influenced by the reasons and attentional demand
of the task at hand, where both motor and sensory information
is relevant. Future studies will explore factors, such as, atten-
tional modulations to touch, including bilateral touch and touch
at other body sites, and how active movement influences touch
both to the self and other objects.
REFERENCES
Abbruzzese, G., Ratto, S., Favale,
E., and Abbruzzese, M. (1981).
Proprioceptive modulation of
somatosensory evoked potentials
during active or passive finger
movements in man. J. Neurol.
Neurosurg. Psychiatry 44, 942–949.
Ackerley, R., and Barnes, G. R. (2011).
The interaction of visual, vestibu-
lar and extra-retinal mechanisms in
the control of head and gaze dur-
ing head-free pursuit. J. Physiol. 589,
1627–1642.
Ageranioti-Bélanger, S. A., and
Chapman, C. E. (1992). Discharge
properties of neurones in the hand
area of primary somatosensory
cortex in monkeys in relation to
the performance of an active tactile
discrimination task. II. Area 2 as
compared to areas 3b and 1. Exp.
Brain Res. 91, 207–228.
Arthurs, O. J., Johansen-Berg, H.,
Matthews, P. M., and Boniface,
S. J. (2004). Attention differen-
tially modulates the coupling of
fMRI BOLD and evoked poten-
tial signal amplitudes in the human
somatosensory cortex. Exp. Brain
Res. 157, 269–274.
Bickley, L., and Szilagyi, P. (2007).
Bates’ Guide to Physical Examination
and History Taking, 9th Edn.
Philadelphia, PA: Lippincott
Williams and Wilkins.
Björnsdotter, M., Löken, L., Olausson,
H., Vallbo, A., and Wessberg, J.
(2009). Somatotopic organization
of gentle touch processing in the
posterior insular cortex. J. Neurosci.
29, 9314–9320.
Blakemore, S. J., Wolpert, D., and Frith,
C. (2000). Why can’t you tickle
yourself? Neuroreport 11, R11–R16.
Blakemore, S. J., Wolpert, D. M., and
Frith, C. D. (1998). Central cancel-
lation of self-produced tickle sensa-
tion. Nat. Neurosci. 1, 635–640.
Blakemore, S. J., Wolpert, D. M., and
Frith, C. D. (1999). The cerebellum
contributes to somatosensory cor-
tical activity during self-produced
tactile stimulation. Neuroimage 10,
448–459.
Carmichael, S. T., and Price, J. L.
(1995). Sensory and premotor con-
nections of orbital and medial pre-
frontal cortex of macaque monkeys.
J. Comp. Neurol. 363, 642–664.
Cavada, C., and Goldman-Rakic, P.
S. (1989). Posterior parietal cortex
in rhesus monkey: I. Parcellation
of areas based on distinctive lim-
bic and sensory corticocortical con-
nections. J. Comp. Neurol. 287,
393–421.
Chapin, J. K., and Woodward, D.
J. (1981). Modulation of sensory
responsiveness of single somatosen-
sory cortical cells during movement
and arousal behaviors. Exp. Neurol.
72, 164–178.
Chapman, C. E. (1994). Active versus
passive touch: factors influencing
the transmission of somatosensory
signals to primary somatosensory
cortex. Can. J. Physiol. Pharmacol.
72, 558–570.
Chapman, C. E., and Ageranioti-
Bélanger, S. A. (1991). Discharge
properties of neurones in the hand
area of primary somatosensory
cortex in monkeys in relation to
the performance of an active tactile
discrimination task. I. Areas 3b and
1. Exp. Brain Res. 87, 319–339.
Cole, J., Bushnell, M. C., McGlone,
F., Elam, M., Lamarre, Y., Vallbo,
A., and Olausson, H. (2006).
Unmyelinated tactile afferents
underpin detection of low-force
monofilaments. Muscle Nerve 34,
105–107.
Eickhoff, S. B., Grefkes, C., Fink, G.
R., and Zilles, K. (2008). Functional
lateralization of face, hand, and
trunk representation in anatomi-
cally defined human somatosensory
areas. Cereb. Cortex 18, 2820–2830.
Fabri, M., Polonara, G., Quattrini, A.,
Salvolini, U., Del Pesce, M., and
Manzoni, T. (1999). Role of the cor-
pus callosum in the somatosensory
activation of the ipsilateral cerebral
cortex: an fMRI study of calloso-
tomized patients. Eur. J. Neurosci.
11, 3983–3994.
Genovese, C. R., Lazar, N. A., and
Nichols, T. (2002). Thresholding of
statistical maps in functional neu-
roimaging using the false discovery
rate. Neuroimage 15, 870–878.
Goebel, R., Esposito, F., and Formisano,
E. (2006). Analysis of functional
image analysis contest (FIAC) data
with brainvoyager QX: from single-
subject to cortically aligned group
general linear model analysis and
self-organizing group independent
component analysis. Hum. Brain
Mapp. 27, 392–401.
Goldring, S., Aras, E., and Weber,
P. C. (1970). Comparative
study of sensory input to
motor cortex in animals and
man. Electroencephalogr. Clin.
Neurophysiol. 29, 537–550.
Gordon, I., Voos, A. C., Bennett, R.
H., Bolling, D. Z., Pelphrey, K. A.,
and Kaiser, M. D. (2011). Brain
mechanisms for processing affec-
tive touch. Hum. Brain Mapp. doi:
10.1002/hbm.21480. [Epub ahead
of print].
Guest, S., Dessirier, J., Mehrabyan, A.,
McGlone, F., Essick, G., Gescheider,
G., Fontana, A., Xiong, R., Ackerley,
R., and Blot, K. (2011). The devel-
opment and validation of sensory
and emotional scales of touch per-
ception. Atten. Percept. Psychophys.
73, 531–550.
Hesse, M. D., Nishitani, N., Fink,
G. R., Jousmäki, V., and Hari, R.
(2010). Attenuation of somatosen-
sory responses to self-produced tac-
tile stimulation. Cereb. Cortex 20,
425–432.
Hlushchuk, Y., and Hari, R. (2006).
Transient suppression of ipsilateral
primary somatosensory cortex dur-
ing tactile finger stimulation. J.
Neurosci. 26, 5819–5824.
Hsiao, S. (2008). Central mechanisms
of tactile shape perception. Curr.
Opin. Neurobiol. 18, 418–424.
Huerta, M. F., and Pons, T. P. (1990).
Primary motor cortex receives input
from area 3a inmacaques. Brain Res.
537, 367–371.
Jackson, S. R., Parkinson, A., Pears,
S. L., and Nam, S. H. (2011).
Effects of motor intention on
the perception of somatosen-
sory events: a behavioural and
functional magnetic resonance
imaging study.Q. J. Exp. Psychol. 64,
839–854.
Jiang, W., Chapman, C. E., and
Lamarre, Y. (1991). Modulation
of the cutaneous responsive-
ness of neurones in the primary
somatosensory cortex during
conditioned arm movements in
the monkey. Exp. Brain Res. 84,
342–354.
Johansen-Berg, H., and Lloyd, D. M.
(2000). The physiology and psy-
chology of selective attention to
touch. Front. Biosci. 5:D894–D904.
Kakuda, N. (1992). Conduction
velocity of low-threshold
mechanoreceptive afferent fibers
in the glabrous and hairy skin
of human hands measured with
microneurography and spike-
triggered averaging. Neurosci. Res.
15, 179–188.
Kastrup, A., Baudewig, J., Schnaudigel,
S., Huonker, R., Becker, L., Sohns,
J. M., Dechent, P., Klingner, C., and
Witte, O. W. (2008). Behavioral
correlates of negative BOLD
signal changes in the primary
somatosensory cortex. Neuroimage
41, 1364–1371.
Klingner, C. M., Hasler, C., Brodoehl,
S., and Witte, O. W. (2010).
Dependence of the negative BOLD
response on somatosensory stim-
ulus intensity. Neuroimage 53,
189–195.
Klingner, C. M., Huonker, R.,
Flemming, S., Hasler, C., Brodoehl,
S., Preul, C., Burmeister, H.,
Kastrup, A., and Witte, O. W.
(2011). Functional deactivations:
multiple ipsilateral brain areas
engaged in the processing of
somatosensory information. Hum.
Brain Mapp. 32, 127–140.
Korvenoja, A., Wikstrom, H.,
Huttunen, J., Virtanan, J., Laine, P.,
Aronen, H. J., Seppalainen, A. M.,
and Ilmoniemi, R. J. (1995). Source
activation of ipsilateral primary
sensorimotor cortex by median
nerve stimulation. Neuroreport 6,
2589–2593.
Lancaster, J. L., Rainey, L. H.,
Summerlin, J. L., Freitas, C. S.,
Fox, P. T., Evans, A. C., Toga, A.
W., and Mazziotta, J. C. (1997).
Automated labeling of the human
brain: a preliminary report on the
development and evaluation of a
forward-transform method. Hum.
Brain Mapp. 5, 238–242.
Lancaster, J. L., Woldorff, M. G.,
Parsons, L. M., Liotti, M., Freitas,
C. S., Rainey, L., Kochunov, P.
V., Nickerson, D., Mikiten, S. A.,
and Fox, P. T. (2000). Automated
Talairach atlas labels for functional
brain mapping. Hum. Brain Mapp.
10, 120–131.
Lederman, S. J. (1981). The perception
of surface roughness by active and
passive touch. Bull. Psychon. Soc. 18,
253–255.
Lee, S., Carvell, G. E., and Simons,
D. J. (2008). Motor modulation
of afferent somatosensory circuits.
Nat. Neurosci. 11, 1430–1438.
Macefield, V. G. (2005). Physiological
characteristics of low-threshold
mechanoreceptors in joints, muscle
Frontiers in Behavioral Neuroscience www.frontiersin.org August 2012 | Volume 6 | Article 51 | 8
Ackerley et al. Cortical processing of touch
and skin in human subjects.
Clin. Exp. Pharmacol. Physiol. 32,
135–144.
Master, S., and Tremblay, F. (2009).
Task-specific increase in corticomo-
tor excitability during tactile dis-
crimination. Exp. Brain Res. 194,
163–172.
Master, S., and Tremblay, F. (2010).
Selective increase inmotor excitabil-
ity with intraactive (self) versus
interactive touch. Neuroreport 21,
206–209.
McGlone, F., Olausson, H., Boyle, J.,
Jonesgotman, M., Dancer, C., Guest,
S., and Essick, G. (2012). Touching
and feeling: differences in pleasant
touch processing between glabrous
and hairy skin in humans. Eur. J.
Neurosci. 35, 1782–1788.
Morecraft, R. J., Cipolloni, P. B.,
Stilwell-Morecraft, K. S., Gedney,
M. T., and Pandya, D. N. (2004).
Cytoarchitecture and cortical con-
nections of the posterior cingulate
and adjacent somatosensory fields
in the rhesus monkey. J. Comp.
Neurol. 469, 37–69.
Morecraft, R. J., Stilwell-Morecraft, K.
S., Cipolloni, P. B., Ge, J., McNeal,
D. W., and Pandya, D. N. (2012).
Cytoarchitecture and cortical con-
nections of the anterior cingulate
and adjacent somatomotor fields in
the rhesus monkey. Brain Res. Bull.
87, 457–497.
Nikouline, V. V., Linkenkaer-Hansen,
K., Wikström, H., Kesäniemi, M.,
Antonova, E. V., Ilmoniemi, R. J.,
and Huttunen, J. (2000). Dynamics
of mu-rhythm suppression caused
by median nerve stimulation: a
magnetoencephalographic study in
human subjects. Neurosci. Lett. 294,
163–166.
Olausson, H., Lamarre, Y., Backlund,
H., Morin, C., Wallin, B. G., Starck,
G., Ekholm, S., Strigo, I., Worsley,
K., Vallbo, A. B., and Bushnell,
M. C. (2002). Unmyelinated tactile
afferents signal touch and project
to insular cortex. Nat. Neurosci. 5,
900–904.
Penfield, W., and Rasmussen, T.
(1950). The Cerebral Cortex of Man:
A Clinical Study of Localization
and Function. New York, NY:
Macmillan.
Perge, J. A., Niven, J. E., Mugnaini, E.,
Balasubramanian, V., and Sterling,
P. (2012). Why do axons differ in
caliber? J. Neurosci. 32, 626–638.
Pons, T. P., Garraghty, P. E., Friedman,
D. P., and Mishkin, M. (1987).
Physiological evidence for serial
processing in somatosensory cortex.
Science 237, 417–420.
Provitera, V., Nolano, M., Pagano,
A., Caporaso, G., Stancanelli, A.,
and Santoro, L. (2007). Myelinated
nerve endings in human skin.
Muscle Nerve 35, 767–775.
Ragert, P., Nierhaus, T., Cohen, L.
G., and Villringer, A. (2011).
Interhemispheric interactions
between the human primary
somatosensory cortices. PLoS ONE
6:e16150. doi: 10.1371/journal.
pone.0016150
Romo, R., Hernandez, A., Salinas, E.,
Brody, C. D., Zainos, A., Lemus,
L., de Lafuente, V., and Luna, R.
(2002). From sensation to action.
Behav. Brain Res. 135, 105–118.
Schäfer, K., Blankenburg, F., Kupers, R.,
Grüner, J. M., Law, I., Lauritzen, M.,
and Larsson, H. B. (2012). Negative
BOLD signal changes in ipsilateral
primary somatosensory cortex are
associated with perfusion decreases
and behavioral evidence for func-
tional inhibition. Neuroimage 59,
3119–3127.
Shanks, M. F., Pearson, R. C., and
Powell, T. P. (1985). The ipsi-
lateral cortico-cortical connexions
between the cytoarchitectonic sub-
divisions of the primary somatic
sensory cortex in the monkey. Brain
Res. 356, 67–88.
Shmuel, A., Augath, M., Oeltermann,
A., and Logothetis, N. K. (2006).
Negative functional MRI response
correlates with decreases in neu-
ronal activity in monkey visual area
V1. Nat. Neurosci. 9, 569–577.
Simões-Franklin, C., Whitaker, T. A.,
and Newell, F. N. (2011). Active
and passive touch differentially acti-
vate somatosensory cortex in tex-
ture perception. Hum. Brain Mapp.
32, 1067–1080.
Talairach, J., and Tournoux, P. (1988).
Co-planar Stereotaxic Atlas of the
Human Brain. New York, NY:
Thieme.
Tapia, M. C., Cohen, L. G., and Starr,
A. (1987). Selectivity of attenua-
tion (i.e., gating) of somatosensory
potentials during voluntary move-
ment in humans. Electroencephalogr.
Clin. Neurophysiol. 68, 226–230.
Tommerdahl, M., Simons, S. B., Chiu,
J. S., Favorov, O., and Whitsel,
B. (2006). Ipsilateral input mod-
ifies the primary somatosensory
cortex response to contralat-
eral skin flutter. J. Neurosci. 26,
5970–5977.
Vallbo, A., Olausson, H., Wessberg,
J., and Norrsell, U. (1993). A
system of unmyelinated afferents
for innocuous mechanoreception in
the human skin. Brain Res. 628,
301–304.
Vallbo, A. B., Olausson, H., and
Wessberg, J. (1999). Unmyelinated
afferents constitute a second system
coding tactile stimuli of the human
hairy skin. J. Neurophysiol. 81,
2753–2763.
Vallbo, A. B., Olausson, H., Wessberg,
J., and Kakuda, N. (1995). Receptive
field characteristics of tactile units
with myelinated afferents in hairy
skin of human subjects. J. Physiol.
483, 783–795.
Verrillo, R. T., Bolanowski, S. J., and
McGlone, F. P. (1999). Subjective
magnitude of tactile roughness.
Somatosens. Mot. Res. 16, 352–360.
Weiskrantz, L., Elliott, J., and
Darlington, C. (1971). Preliminary
observations on tickling oneself.
Nature 230, 598–599.
Wessberg, J., Olausson, H., Fernström,
K. W., and Vallbo, A. B. (2003).
Receptive field properties of
unmyelinated tactile afferents in the
human skin. J. Neurophysiol. 89,
1567–1575.
Conflict of Interest Statement: The
authors declare that the research
was conducted in the absence of any
commercial or financial relationships
that could be construed as a potential
conflict of interest.
Received: 19 March 2012; paper pend-
ing published: 19 April 2012; accepted:
20 July 2012; published online: 07 August
2012.
Citation: Ackerley R, Hassan E, Curran
A, Wessberg J, Olausson H and McGlone
F (2012) An fMRI study on corti-
cal responses during active self-touch
and passive touch from others. Front.
Behav. Neurosci. 6:51. doi: 10.3389/
fnbeh.2012.00051
Copyright © 2012 Ackerley, Hassan,
Curran, Wessberg, Olausson and
McGlone. This is an open-access article
distributed under the terms of the
Creative Commons Attribution License,
which permits use, distribution and
reproduction in other forums, provided
the original authors and source are
credited and subject to any copyright
notices concerning any third-party
graphics etc.
Frontiers in Behavioral Neuroscience www.frontiersin.org August 2012 | Volume 6 | Article 51 | 9
